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Abstract
Computational models of motor control have often explained the straightness of horizontal planar reaching movements as a
consequence of optimal control. Departure from rectilinearity is thus regarded as sub-optimal. Here we examine if subjects
mayinstead selecttomake curvedtrajectoriesfollowingadaptationtoforcefieldsand visuomotorrotations. Separatesubjects
adapted to force fields with or without visual feedback of their hand trajectory and were retested after 24 hours. Following
adaptation, comparable accuracies were achieved in two ways: with visual feedback, adapted trajectories in force fields were
straight whereas without it, they remained curved. The results suggest that trajectory shape is not always straight, but is also
influenced by the calibration of available feedback signals for the state estimation required by the task. In a follow-up
experiment, where additional subjects learned a visuomotor rotation immediately after force field, the trajectories learned in
force fields (straight or curved) were transferred when directions of the perturbations were similar but not when directions
were opposing. This demonstrates a strong bias by prior experience to keep using a recently acquired control policy that
continues to produce successful performance inspite of differences in tasks and feedback conditions. On relearning of force
fieldsonthesecondday, facilitationby interveningvisuomotorrotations occurred only when required motoradjustments and
calibration of feedback signals were similar in both tasks. These results suggest that both the available feedback signals and
prior history of learning influence the choice and maintenance of control policy during adaptations.
Citation: Arce F, Novick I, Shahar M, Link Y, Ghez C, et al. (2009) Differences in Context and Feedback Result in Different Trajectories and Adaptation Strategiesi n
Reaching. PLoS ONE 4(1): e4214. doi:10.1371/journal.pone.0004214
Editor: Paul L. Gribble, The University of Western Ontario, Canada
Received October 14, 2008; Accepted December 4, 2008; Published January 16, 2009
Copyright:  2009 Arce et al. This is an open-access article distributed under the terms of the Creative Commons Attribution License, which permits unrestricted
use, distribution, and reproduction in any medium, provided the original author and source are credited.
Funding: This work was supported in part by the Binational Science Foundation (BSF), the Israel Science Foundation (ISF), the Johnson&Johnson Fund for
Innovative Science and special contributions from the Rosetrees Trust and the Ida Baruch fund. EV is the Jack H. Skirball Chair of Brain Research. The funders had
no role in study design, data collection and analysis, decision to publish, or preparation of the manuscript.
Competing Interests: The authors have declared that no competing interests exist.
* E-mail: fritziea@ekmd.huji.ac.il
Introduction
While externally imposed perturbations initially degrade skilled
reaching movements, humans learn to control their movements
predictively rather than through successive corrections [1–5].
Computational models have suggested that endpoint variability and
deviations from rectilinearity might be minimized concurrently based
on a common performance error [6,7]. Indeed, the characteristic
bell-shaped velocity profiles and rectilinear trajectories of horizontal
reaching movements [8–10] were simulated robustly and with varied
dynamic loads, through minimization of endpoint variability alone
[11]. Recent models propose an alternative view suggesting that to
maximize performance, trajectories may be ‘‘reoptimized’’ and have
a curved shape [12]. Indeed, various types of curved trajectories were
reported; for example, when subjects reached along a curved path
that conformed to the stiffness of a virtual disk [13], or when visual
feedback was displayed in joint rather than in Cartesian coordinates
[14], or when adapting to visuomotor rotations when visual feedback
was limited to the endpoint [15]. Scheidt and Ghez (2007) suggested
that their results were accounted for by a computational model in
which intended trajectories and final hand position are driven by
separate controllers.
Intrigued by these studies, we reasoned that while the spatio-
temporal criteria for success constitute explicit demands of the task,
trajectory shape is not uniquely determined by this constraint but is
influenced by other factors such as calibration of the available
feedback signals for the state estimation required by the task. For
example, when reaching to an object, estimating the hand position
is not as certain when we cannot see the hand as when we can see it
[16,17]. This uncertainty can lead to errors in sensory estimates and
consequently to movement variability [18]. Estimation of the state
of the body and the environment is all the more critical when
reaching in novel environments. Here we examine how differential
visuospatial information provided at movement termination and
during movement itself influences adaptive adjustments to exter-
nally imposed force field perturbations during reaching. We
hypothesized that while accuracy might be recovered with terminal
visual feedback alone, rectilinearity might require continuous visual
feedback for proprioception to be calibrated over the entire
workspace [19]. Thus, in the absence of vision, the shape of
adapted trajectories would be constrained by the predicted effects of
force fields afforded by the available feedback.
In a first set of experiments, we compared movements made by
two groups of subjects reaching for a single target that changed color
when acquired successfully. One group received only this feedback
(i.e. target color change) while the other could also see a cursor during
the entire movement. Recovery of both terminal accuracy and
straight hand trajectories in both groups would support the idea that
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control models. Instead, rectilinear trajectories were recovered only
when subjects had continuous visual feedback of their hand
trajectory, but remained curved when feedback was limited to
success at movement termination. This was consistent with different
estimates of the expected trajectories in the two conditions and
suggestedthatproprioceptiveandvisualfeedbackoperateddifferently
in regulating trajectory shape.
In a second set of experiments, we examined how the control
strategies learned during force field adaptation influenced subse-
quent adaptation to visuomotor rotations, where movements were
under continuous visual control. Optimal control would predict
rectilinear trajectories in both cases. Instead, prior experience
biased adapted trajectory shapes (straight vs. curved) in rotation
learning. In these same subjects, we then examined the effects of
intervening visuomotor rotation. If the control strategies used in the
intervening rotations were similar, the effects on force field
relearning would be similar regardless of feedback conditions and
depend only on the direction of the imposed rotation that had been
learned. This was not found. Rather, there were distinct effects on
trajectories depending on the direction of the imposed rotation and
on feedback conditions. The findings have been reported previously
in abstract form (Arce et al., Soc. Neurosci. Abstr. 413.14, 2007).
Materials and Methods
Ethics Statement
The experimental procedures were approved by the Hebrew
University institutional review board. All subjects gave informed
written consent prior to the experiment.
Subjects
Thirty-eight subjects (age range: 19–34) were paid for their
participation. All subjects were naı ¨ve to the experimental goals and
reported having normal or corrected vision, absence of neurolog-
ical deficits, right-handedness, and scored above 75% in a hand-
dominance questionnaire.
Procedure. We conducted two experiments; subjects in
Experiment 1 (two groups, 6 subjects in each) adapted to a force
field either with or without visual feedback (VFB). Another set of
subjects in Experiment 2 (4 groups, 5 subjects in each) were exposed
to two perturbations sequentially: force field (either with or without
VFB) followed by visuomotor rotation of a similar or opposite
direction to force field.As a control group for experiment 2,another
set of subjects (n=6) adapted to a single visuomotor rotation. Each
subject was randomly assigned to only one group (Table 1).
Subjects sat in front of a workstation, grasping the handle of a
lightweight robotic arm (Phantom Premium 1.5 High Force,
SensAble Devices, Cambridge, MA), with their chin on a chinrest
(Fig. 1). They adopted a natural arm posture, their upper arm in a
near-vertical plane, their hand at about shoulder level and were to
move the robotic arm from a common starting location to one of
several peripheral targets. A 3D monitor projected onto a mirror a
stereo image of spherical targets and a cursor that tracked the
instantaneous position of the robotic arm’s handle. Subjects did not
see theirhand orthe roboticarmwhile performingthe task.Reaching
movements were constrained to the horizontal plane (created via
force boundaries applied by the robotic arm along the vertical axis)
and involved rotations of shoulder, elbow, and wrist joints.
Experiment 1: Single force field perturbations
Trial events. Figure 1 describes the sequence of events
during different trial types. Trials started with the appearance of a
sphere (12 mm-radius) in the center of the virtual workspace that
served as an origin and a cursor (sphere of 9 mm-radius) indicating
the current position of the robotic manipulator end-point. Subjects
were instructed to position the cursor at the origin and to hold this
position for a random period (0.1–0.5 s) after which a peripheral
target (12 mm-radius) appeared. After another random period
(0.1–0.5 s) from target appearance, the origin disappeared. This
served as a go-signal. Subjects were instructed to respond by
reaching for the target as accurately and as fast as possible. The
trial was terminated 1 s after the go-signal. Movements were
successful if the hand reached the target within this time period
and were cued by target color change and an auditory cue
(notify.wav, Microsoft Windows). Trials were aborted when
subjects did not respond within 1 s, moved prior to the go-
signal, or moved in the wrong direction (exceeding a
perpendicular deviation of 18 mm from a line connecting the
centers of the origin and target). In these circumstances, subjects
were presented with another auditory cue (Pop-up Blocked.wav,
Microsoft Windows). At trial end, force field if present (see below),
was turned off and the workspace was blanked. An intertrial
interval (0.5–1 s) immediately followed trial termination.
Block and trial types. All subjects participated in two day-
sessions separated by 24 hours. Each day session started and
ended with a standard block. In the standard block (176 trials),
subjects reached to eight radially located targets (separated by 45u,
at 70.71 mm from a common origin) presented in random order.
The cursor was displayed continuously from start to end of trial.
Hand and cursor movements were overlaid. The perturbation block
followed the first standard block after a rest period of randomized
duration (45–60 s) provided between blocks. Unlike the 8 targets
in the standard block, subjects reached to a single target at 90u
in the presence of a viscous curl force field either with or without
visual feedback of the cursor position (220 trials). In force field
without visual feedback, the cursor disappeared at go-signal and
reappeared only at the start of the next trial when the cursor
approached the vicinity of the origin (20 mm-radius). The force
field was applied to the hand only during reaching and always
pushed the arm perpendicular to its current velocity in
counterclockwise direction (indicated as negative). It was
generated using the following equation:
Fx
Fy

~k
cos h ðÞ {sin h ðÞ
sin h ðÞ cos h ðÞ

_ x x
_ y y

where Fx and Fy are robot-generated forces, k=6 Ns/mm,
h=290u, _ x x and _ y y are the components of the hand velocities in
Table 1. Experimental groups and block structure.
Day1 Day2 n
Experiment 1: Single perturbation groups
Force field - vision (FFv) S, FFv, S S, FFv, S 6
Force field - no vision (FFnv) S, FFnv, S S, FFnv, S 6
Experiment 2: Double perturbation groups
Matched FFv-rotation (FFvR2) S, FFv, R2, S S, FFv, S 5
Matched FFnv-rotation (FFnvR2) S, FFnv, R2, S S, FFnv, S 5
Non-matched FFv-rotation (FFvR+) S, FFv, R+, S S, FFv, S 5
Non-matched FFnv-rotation (FFnvR+) S, FFnv, R+, S S, FFnv, S 5
Control Rotation (R2)S , R 2,S S ,R 2,S 6
doi:10.1371/journal.pone.0004214.t001
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approximately in a vertical plane (Fig. 1), the effects of the force
fields were distributed throughout the limb. However, since the
hand was maintained in the horizontal plane by the robotic arm,
perturbations moving it to the left were mainly associated with
internal rotation and adduction of the shoulder. The force
perturbation was engaged when the target appeared and
deactivated upon trial termination. Thus, with a single
adaptation target, subjects experienced the perturbation only
while moving in a narrow range of directions and not when
returning the hand to the origin.
To assess retention and the effect of additional practice, subjects
returned 24 hours later and were given the same set of blocks as in
the previous day. At the completion of the experiment, subjects
were asked to describe in writing the tasks they had been given and
the strategies they used.
Experiment 2: Double perturbations
Four new groups of subjects adapted to visuomotor rotations
immediately after the force field block performed either with or
without VFB (Table 1). Visuomotor rotations consisted of a 45u-
rotation of the cursor location relative to the hand position, using
the following equation:
a
b

~
cos h ðÞ {sin h ðÞ
sin h ðÞ cos h ðÞ

x
y

where a and b are the coordinates of the ‘‘rotated’’ hand position,
h=645u, x and y are the components of the hand position in the
horizontal plane. While the prior force field perturbation was
always counterclockwise, the direction of the visuomotor rotation
was either ‘‘matched’’ (counterclockwise) or ‘‘non-matched’’
(clockwise). The target direction (90u) was the same for the two
perturbations although the final positions of the required
movement were different (i.e. 135u for non-matched and 45u for
matched rotation).
Subjects always started with a standard block, followed by force
field, then rotation, and ended with another standard block. To
test retention of force field learning, subjects returned on the
second day to do a block of the same force field learned previously.
Standard blocks preceded and followed the force field block. Trial
events were as described in Experiment 1.
Data analysis. Hand position was sampled at 100 Hz by the
device encoders and low-pass filtered (cut-off frequency 20 Hz)
using Matlab filter toolbox (The Mathworks, Inc., Natick, MA)
prior to computing hand velocities. Movement onset was marked
when hand velocity last exceeded a threshold of 0.02 m/s prior to
reaching two-thirds of peak velocity. All trials, whether successful
or not, were included in the analysis except for aborted trials when
subjects did not respond within 1 s from go-signal, or initiated the
movement before the go-signal, or when hand velocity remained
under 0.08 m/s.
We evaluated task performance itself by assessing success rate
and the accuracy at movement endpoint, when subjects were
informed of the success or failure of a given movement. Trial-by-
trial changes in accuracy were measured by the perpendicular
distance between the target’s center and the final position reached
at the end of the trial, and termed spatial error. Changes in
systematic and variable error were computed using principal
components analysis, from the centroids and areas of the 95%
confidence ellipses of the endpoint distributions (first and last 40
trials of each day’s perturbation blocks).
Figure 1. Experimental set-up and paradigm. Subject, with the head placed on a chinrest and the arm in a natural posture, reaches to a target
projected onto a mirror using a robotic arm. Vision of the subject’s hand and robotic arm is occluded. Trial flow (horizontal) - the sequence of events
in a trial that could be one of 4 types (vertical): standard (S), force field without visual feedback (FFnv), force field with visual feedback (FFv), or
visuomotor rotation (R2). Perturbations are only introduced in blocks with a single target and never in standard trials. In FFnv, the subject does not
see the cursor during the reach but does in FFv (yellow circle and green arrow). In R2, the hand to cursor mapping is rotated 45u counterclockwise
such that the subject has to move the hand to 45u in order to bring the cursor to a 90u-target.
doi:10.1371/journal.pone.0004214.g001
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directional deviations and the path curvatures. Directional deviation
was taken as the angular difference between the direction of a
vector going from the hand position at movement onset to the
target and one from the origin to the hand position 150 ms after
movement onset. This early time-point excludes visual feedback
effects [20,21]. Path curvature was taken as the mean perpendicular
distances of individual points along the path to a straight line
connecting the origin to the target (from movement onset to trial
termination).
We examined the effects of practice on performance. Differ-
ences in adaptive changes between feedback conditions and across
early (first 20 trials) and late phases (last 20 trials) of training were
assessed. We used a mixed model ANOVA with feedback
condition and learning phase as fixed effects, subjects as random
effects and nested into the group variable. When interactions
between feedback conditions and phase were found non-
significant, ANOVA was run again to exclude the interaction
term. When effects were found significant, a separate mixed model
ANOVA was performed if applicable. Post-hoc paired comparisons
were performed with the Tukey-Kramer correction. To compare
retention on the next day in the double perturbation groups
(Experiment 2), we calculated an improvement index (IMP)a sa
normalized trial-by-trial difference between group mean values
obtained on the first 40 trials of day1 and day2 for each learning
variable (IMP(i)=(error1(i)2error2(i))/(error1(i)+error2(i)). Differ-
ences in IMPs were tested using one-way ANOVA. Post-hoc paired
comparisons were performed with the Tukey-Kramer correction.
Significance level for all tests was set at p=0.05.
Results
Experiment 1. Adaptation to force fields: differential
effects of visual feedback on endpoint and trajectory
Terminal accuracy. When first experienced, force fields
deviated the subjects’ hand perpendicular to the direction of
movement (Fig. 2A, day1) and success rate decreased dramatically
(Fig. 3). This occurred in both force field conditions but the effect
was greater without VFB than with VFB (Fig. 3, d1-early
F(1,10)=6.0 p=0.03) consistent with feedback correction of initial
errors. With practice, success rates increased as movements
became more accurate (Fig. 2A vs. 2B) and precise (Fig. 2D vs.
2E). By the end of the first training day, success rates became
similar with and without VFB (d1-late: F(1,10)=0.3 p.0.10) and
improved further on the second day to the same degree (Fig. 3,
day2 p.0.10).
Figure 4 (A,D–E) shows the improvements in spatial accuracy
and precision from early to late trials with and without VFB.
Comparable endpoint accuracies were achieved with and without
VFB (ANOVA, main effect of group: F(1,10)=1.4, p.0.10, see also
figure S1 for the mean endpoints of each subject in both groups).
Note that early in adaptation (see Fig. 4A-early, compare shaded
red traces in FFnv vs. FFv), spatial errors seemed higher without
VFB than with VFB but this difference did not reach significance
level. For both groups, spatial errors showed significant reductions
across training days (main effect of phase: F(3,10)=27.8,
p,0.00001). To compare between the different learning phases,
follow-up ANOVAs (mixed model, fixed effect of phase and
random effect of subjects) for each group were done. Subjects in
both groups reduced their spatial errors substantially from early to
late trials on day1 (Fig. 4A compare red traces, FFv: F(3,5)=9.6,
p,0.00001, FFnv: F(3,5)=20.3, p,0.00001, post-hoc p,0.001). On
day2, savings were apparent for both groups; spatial errors were
significantly lower in the early trials of day2 than day1 (Fig. 4A-
early, compare red vs. blue traces, post-hoc p,0.01). Accuracy did
not improve further from early to late trials on day2 (Fig. 4A blue
traces, post-hoc p.0.10 for both groups).
Mean directional deviations at movement termination (i.e. the
angular difference between the direction of a vector going from the
hand position at movement onset to the target and one from the
origin to the hand position at trial termination) were also similar
with and without feedback. While there was a small difference
between groups (ANOVA, main effect of group: F(1,10)=5.8,
p=0.04), this was only present at the end of the first training day
(FFnv: M=5.0u SEM=5.5, FFv: M=2.3u SEM=1.9,
F(1,10)=6.1, p=0.03) and beginning of day2 (FFnv: M=7.5u
SEM=8.9, FFv: M=3.1u SEM=2.9, F(1,10)=6.1, p=0.03). By
the end of day2, subjects achieved similar directional deviation at
movement termination with and without VFB (FFnv: M=4.4u
SEM=5.5, FFv: M=2.5u SEM=4.3, F(1,10)=2.5, p.0.10).
The variability in endpoint distributions (i.e. precision),
measured as the areas of the 95% confidence ellipses, was also
reduced with practice in both groups (Fig. 4D–E day1 red dotted
vs. solid line, main effect of phase: F(3,10)=8.1, p=0.0004). Like
spatial error, reductions were significant from early to late trials on
day1 (follow-up mixed ANOVA, FFv: F(3,5)=3.6, p=0.04, post-hoc
p,0.05; FFnv: F(3,5)=6.4, p=0.005, post-hoc p,0.01); No further
significant reductions were observed on day2 (p.0.10). Precision
was greater with vision than without vision early on day1 (Fig. 4E
dotted traces, day1, main effect of group: F(1,10)=5.5, p=0.04,
follow-up one-way ANOVA, p,0.01) but no longer at the end of
training (p.0.10 for all other phases). The endpoint distributions
used in figure 4E were measured when subject received feedback
of trial-end. To verify that these improvements in precision did not
reflect the truncation of ongoing movements by trial termination,
we also performed the same set of analyses on final hand positions
at velocity minima (which could occur after the trial termination).
Similar results of improved precision with adaptation were
obtained for the two measures of movement endpoint as shown
by comparing figures 4E and 4F (for all comparisons p.0.10).
Trajectories. Although subjects achieved comparable
success levels and accuracies with and without VFB, movement
trajectories differed systematically. Directional deviations early in
the movement were substantially larger and hand paths
consistently more curved without VFB than with VFB (Fig. 4B–
C, group effect for directional deviation: F(1,10)=8.6 p=0.01 and
for curvature: F(1,10)=15.8 p=0.003). Importantly, trajectories
remained different for the two groups even after a second day of
training and the same degree of accuracy (Fig. 4B–C blue traces,
follow-up mixed ANOVA, directional deviation: F(1,10)=5.5
p=0.04, curvature: F(1,10)=8.7 p=0.01). Path curvatures were
significantly reduced in both groups (phase effect: F(3,10)=51.9
p,0.00001). It should be noted that without VFB, path curvature
stabilized at a new value which remained similar on day2, even as
accuracy improved (follow-up mixed ANOVA, F(3,5)=25.3
p,0.00001, post-hoc p.0.10). With VFB, curvatures were further
reduced from early to late trials of day2 (F(3,5)=28.7 p,0.00001,
post-hoc p,0.001). Since endpoint errors were similar at the end of
practice across feedback conditions, this suggests that subjects
learned to move their hand through different planned trajectories.
Nevertheless, adaptive changes in initial trajectory, although to
different degrees, were present in both groups. First, the
directional deviations produced by the perturbations were reduced
progressively with practice both with and without VFB (Fig. 4B–C,
phase effect: F(3,10)=35.1 p,0.00001). This variable was measured
150 ms after movement onset, before any corrective adjustments
would be possible. Thus, changes in feedforward commands
reduced the effect of the perturbing forces. Second, aftereffects
Different Adaptive Strategies
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savings on day2 were also apparent in the significantly lower
directional deviations and curvature on the early trials of day2
than day1 (Fig. 4B–C red vs. blue traces, post-hoc p,0.001).
Subjects might have improved terminal accuracy without visual
feedback by increasing movement time and perhaps using this
added time for corrective movements [22]. However, following
adaptation, movement durations of reaches were similar with and
without VFB (late day1: FFv: M=590 ms, SEM=130; FFnv:
M=619 ms, SEM=18, F(1,10)=0.11, p.0.10; late day2: FFv:
M=623 ms, SEM=125; FFnv: M=610 ms, SEM=134,
F(1,10)=0.47, p.0.10). Velocity profiles and their peak values
were also similar with and without VFB (day1, FFv:M=0.2 m/s
SEM=0.08; FFnv: M=0.19 m/s SEM=0.07; ANOVA,
F(1,10)=0.11, p.0.10; day2, FFv:M=0.17 m/s SEM=0.06;
FFnv:M=0.19 m/s SEM=0.06, F(1,10)=1.0, p.0.10). Further-
more, as can be seen in the sample profiles of figure 2C, inflections
(sub-movements) occurred mainly at the end of movement and
generally disappeared over the course of practice on both days.
Thus, the persistent curvature did not reflect corrective sub-
Figure 2. Adaptation to force fields with and without visual feedback: Single subjects. A–B, Day1 and day2 hand paths of two single
subjects during the first 10 trials and late trials (ranging from trial 131–220) of force field without visual feedback (FFnv, left) and with (FFv, right).
Aborted trials (see methods) are not shown. Hand paths, plotted from detected movement onset to movement end, show displacement from origin
to a target at 90u (gray circle). C, Velocity profiles of the hand paths in the late trials shown in B. Representative single-trial hand paths and their
corresponding velocity profiles are also shown. In FFnv, the smooth early phase of the velocity profiles showed that in most cases, the path curvature
in the late trials was not due to online corrections. However, in some cases trajectory corrections were observed as reflected in the presence of
inflections after peak velocity (gray arrows, trial 201). D–E, Endpoint variability. Shown are 95% confidence ellipses (per subject) for early and late
trials of both days. Gray circle shows the size of the target for comparison. F, Aftereffects. Hand paths of subjects in FFnv (n=6) and FFv (n=6)
corresponding to the first trial in the learned direction (90u) in the post-learning standard block. Starting points of hand paths were aligned at (0,0) for
easy comparison of directional deviations. Hand paths were deviated in the direction opposite to that of force field. Since this first trial could occur
after several trials in this block, the aftereffect could be smaller. For this reason, aftereffects are used here for illustration only.
doi:10.1371/journal.pone.0004214.g002
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the desired trajectory in the presence of force field.
Note that subjects did not feel any force field in the return
movement because the field was disengaged at trial termination
(see Methods, Block and trial types). This, however, did not
constitute a washout effect between trials. Performance errors were
substantially reduced within the first 10 trials in the with VFB
condition (Fig. 4). If washout had been significant, learning rates
would be slower. Also, since generalization is confined to narrow
angular disparities from the learned direction [23–25], there is
little concern about the return movements to 180u, opposite from
the learned direction.
In sum, learned improvements in endpoint accuracy were
achieved differently in the two feedback conditions: hand
trajectories remained curved when subjects could not see the
cursor but rapidly became straight when VFB was available. These
findings agree with the notion of separate processes governing
endpoint and trajectory [15].
Experiment 2. Interactions between force field and
rotation learning
Differential effects of learned force fields on subsequent
adaptation to rotation. We next examined whether
adaptation to force fields—with and without visual feedback—
differentially influenced movements made during later adaptation
to visuomotor rotations, where visual feedback was now used to
reach the target. New groups of subjects were exposed first to force
fields (either with or without VFB) and next to rotations (Table 1,
Experiment 2). These groups adapted to rotations that were either
matched to the force field direction (counterclockwise) or non-
matched (clockwise). With direction-matched rotation, the rotated
visual cursor was deviated in the same direction as the initial
movement when encountering the force perturbation (Fig. 5A-left,
cursor paths). For non-matched rotations, the directions of the
rotation and force perturbations were opposite. Note however that
the actual final hand positions at target acquisition in the two tasks
were different (i.e. 90u for force fields and 45u/135u for matched/
non-matched rotations). We expected that if the motor
adjustments compensating for the initial force field perturbation
and those needed for the subsequent adaptation to rotation were
in the same direction (as in matched directions), adaptation would
be facilitated. If they were opposite (non-matched directions), there
would be interference. If prior history were not taken into account,
adaptations to rotation would yield straight trajectories and
accurate endpoints whether subjects previously learned force
fields with or without feedback.
As in Experiment 1, the trajectories of subjects in the double
perturbation groups were curved when adapting to force fields
without VFB and straight when VFB was present. However, the
trajectories developed during visuomotor rotations differed
between these conditions (Fig. 5B, orange vs. green).
Matched directions. With visuomotor rotations alone,
subjects compensated for the perturbation with successful target
acquisition and accuracy by the 10
th trial onwards. The time
course of the reduction in spatial errors was similar in subjects that
had previously adapted to force fields, both with and without VFB
as in rotation (Fig. 6A, group effect: F(2,13)=0.8, p.0.10, phase
effect: F(1,13)=195.0, p,0.00001). Endpoint variability was also
reduced substantially (Fig. 6D, phase effect F(1,13)=10.8, p=0.005)
and to the same degree in all (group effect F(2,13)=0.6, p.0.10).
On the other hand, there were significant effects of the previous
force field adaptation on the initial deviations (group effect
F(2,13)=5.9, p=0.02; phase effect F(1,13)=5.2, p=0.04; interaction
effect F=6.1, p=0.01) and shapes of adapted trajectories (group
effect F(2,13)=4.2, p=0.04; phase effect F(1,13)=126.4, p,0.00001)
in visuomotor rotations. Hand movements made during the first
rotation trials after adapting to force fields were initially directed
clockwise in comparison to movements made with the control
rotation (Fig. 5A, hand paths). This is likely to be an aftereffect of
forcefield adaptationsincetherewereno washout trialsbetween the
two perturbations. The relative clockwise deviation was close to the
direction required to compensate for the cursor rotation by moving
the hand 45u clockwise. As in single force field perturbations
(Experiment 1), the aftereffects on rotation were larger when force
field had been learned with VFB than without VFB. Indeed, early
directional deviations in the group that had prior VFB were
significantly lower than those found in control rotation (Fig. 6B-
early compare orange to black, follow-up mixed ANOVA
F(1,9)=6.8, p=0.03). In contrast, subjects who had previously
adapted without VFB were not significantly different from control
rotation subjects (Fig. 6B-early compare green to black, F(1,9)=0.5,
p.0.10). Path curvature was comparable across all groups early in
adaptation (Fig. 6C-early, p.0.10 for all comparisons).
As adaptation progressed, the trajectory shapes of the groups
diverged. Trajectories rapidly became straight both with control
rotations and after adapting to force fields with VFB but became
curved when they had adapted to force fields without VFB (Fig. 5B–
C, orange vs. green). While directional deviations with only rotation
and with rotation after force fieldwith VFB were similar (Fig. 6B-late,
follow-up mixed ANOVA F(1,9)=0.1, p.0.10), mean directional
deviation was significantly larger when rotation was experienced after
forcefieldwithoutVFBfromaroundthe40
th trial onwards compared
to control rotation (F(1,9)=11.3, p=0.008) and to rotation after force
field with VFB (F(1,9)=9.2, p=0.02). Curvature without VFB was
also higher relative to control rotation (Fig. 6C-late, F(1,9)=9.5,
p=0.01) and rotation after force field with VFB (F(1,9)=8.2,p=0.02).
Note that the late-trial curvatures werein the direction opposite to the
early-trial curvatures (compare figure 5A-center vs. 5B-center).
The re-emergence of curvature with rotation learning after
force field without VFB suggests that subjects applied the same
trajectory control strategy to achieve accurate termination in one
context (force field no VFB) to another (rotation with VFB). This
implies that the cost of switching strategies may be higher than
Figure 3. Success rates. Success rates in early and late adaptations to
force fields with (FFv) and without visual feedback (FFnv) on day1 and
day2. Success rate was calculated in 10 bins of 22 trials each. Each bar
depicts the mean of the first or last 3 bins across all subjects in the
group. The mean success rate for standard trials for the same direction
(n=22) is also shown for FFnv. Vertical line is 61 standard deviation
(*=p,0.05).
doi:10.1371/journal.pone.0004214.g003
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allowed subjects to achieve success in a different task.
Non-matched directions. When perturbation directions
were non-matched, prior adaptation to force fields did not have
demonstrable effects on spatial accuracy and variability, as found
in matched directions. Spatial errors in opposite rotations after
force fields with and without VFB were reduced (phase effect
F(1,13)=243.4, p,0.00001) but were not significantly different
from each other nor from control rotation (group effect
F(2,13)=1.6, p.0.10). Ellipse areas were also reduced but were
similar across groups (group effect: F(2,13)=2.5, p.0.10; phase
effect: F(1,13)=16.7, p=0.001).
Like in matched-directions, significant effects of prior force field
were found on the directional deviations during adaptation to non-
matched rotation (group effect F(2,13)=6.9, p=0.009; phase effect
F(1,13)=230.0, p,0.00001). With the non-matched rotations,
aftereffects of force fields would be in the direction opposite to
the movement required to adapt to the rotation. Correspondingly,
directional deviations were larger after force field with VFB than
in control rotation (follow-up mixed ANOVA F(1,9)=13.6,
p=0.005). This interference early in adaptation diminished over
successive trials and ceased at the end of the training block
(F(1,9)=3.8, p.0.10). In non-matched rotation after force field
without VFB, significant interference emerged after the first 20
Figure 4. Adaptation to force fields with and without visual feedback. Group data, A–C, Day1 and day2 time courses, showing trial-by-trial
means and 61 SEM of spatial errors, directional deviation, and path curvature respectively, for force field without visual feedback (left) and with visual
feedback (right). Shaded areas correspond to early and late trials used for comparisons. The directional deviation of the first trial in FFnv was the
mean across 3 subjects only (the other 3 were aborted trials). D, Endpoint variability ellipses for early and late trials for each group. Each subject’s
endpoint position for each trial was subtracted from his mean endpoint position. Gray circle shows the size of the target for comparison. E, As in D
but using endpoints taken at near zero velocity.
doi:10.1371/journal.pone.0004214.g004
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Path curvature showed significant reductions but were similar in
all groups (phase effect: F(1,13)=276.2, p,0.00001; group effect:
F(2,13)=1.0, p.0.10). Thus, adapted trajectories in subsequent
opposite rotation were rectilinear inspite of previously acquired
curved trajectories in force field without VFB.
To summarize the results of this section, we show that prior force
field adaptations influenced adapted trajectory but not accuracy
during later adaptation to visuomotor rotations. The effects of prior
force field on the adapted trajectories in subsequent rotations were
apparent regardless of differences in task demands and feedback
conditions. When perturbation directions were matched, previously
learned trajectories in force fields with and without VFB were
carried over to subsequent rotation adaptation. When perturbation
directions were non-matched, interferences in directional deviations
occurred and precluded transfer of learned trajectory shapes.
Differential effects of rotation adaptation on force field
relearning
Here we examine how adaptation to visuomotor rotation
influenced relearning of force fields (with and without VFB) the
next day. To isolate these effects from effects on retrieval [26,27],
subjects performed two blocks of standard reaches, i.e. after the
rotation block on day1 and before the force field block on day2.
Relearning was assessed using indices of improvement from early
trials of day1 to day2 (IMPs, see Data analysis). If the control
strategies used in the intervening rotations were similar, the effects
on force field relearning would be similar regardless of feedback
conditions and depend only on the direction of the imposed
rotation that had been learned.
Rotation adaptation did not affect endpoint accuracy and
variability when relearning force field 24 hours later whether or
not visual feedback was available and whether perturbations were
matched or non-matched. IMPs in spatial error of all double
perturbation groups were not significantly different from their
respective control single force fields (Fig. 7A compare FFv vs.
FFvR
2/ FFvR
+ and FFnv vs. FFnvR
2/ FFnvR
+, F(5,234)=3.8,
p=0.002; post-hoc p.0.10). The same was true for IMPs of
endpoint variability (F(5,26)=0.5 p.0.05).
In contrast, the effects of intervening visuomotor rotation on the
trajectories during force field relearning depended on the
perturbation directions and feedback condition (Fig. 7B–C). IMPs
were highest in matched directions with VFB (FFvR
2) and lowest
in non-matched directions (FFvR
+ and FFnvR
+). When perturba-
tions were direction-matched, adaptive changes in directional
deviation were facilitated in force field with VFB (group FFvR
2,
F(5,234)=17.8 p,0.00001) as seen in the significantly greater IMPs
compared to control FFv (Fig. 7B comparison 1, p=0.025). In
contrast, adaptive adjustments produced by intervening rotations
had no effect when re-experiencing force field without VFB (group
Figure 5. Double perturbations of matched directions: Visuomotor rotation adaptations after force field adaptations. A, Cursor and
hand paths of representative subjects (one per group) during the first trial of the first exposure to rotation (left, Control R2), and following
adaptations to force field without visual feedback (center,R 2 after FFnv) and with (right,R 2 after FFv). To reach a target at 90u in visuomotor
rotation, subjects should direct their movements 45u clockwise from the target. Subjects see a rotated cursor feedback of their hand movement and
final hand position such that they see the cursor reaching 90u-target while their hands end at 45u. Center and right, the hand path of the first rotation
trial (solid gray line) are also shown to illustrate aftereffects of prior force field adaptations. B, As in A, cursor paths of the late rotation trials. The hand
paths of the subject who had prior adaptation to FFnv were curved (center) as opposed to the straight paths of the subjects in control R2 and in R2
after FFv. C, Velocity profiles of the late trials shown in B. The profiles of the subject in R2 after FFv show that the curved paths were not due to
online trajectory corrections, as seen previously in single force fields without VFB.
doi:10.1371/journal.pone.0004214.g005
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2, p.0.10). Correspondingly, improvements in the direc-
tion-matched groups were significantly higher with vision than
without (Fig. 7B comparison 3, p,0.001). Similar results were
obtained for path curvature (F(5,234)=18.1, p,0.00001); IMPs
were significantly higher than control in matched-directions with
VFB (Fig. 7C, comparison 2 p,0.001) but not without VFB (FFnv
vs. FFnvR
2, p.0.10). Reductions in curvature in the direction-
matched groups were significantly higher with vision than without
(Fig. 7C comparison 4, p,0.01). Note however that these subjects
(FFnvR
2) showed improvements similar to control force field
without VFB (p.0.10) even though they continued making the
same pattern of curved trajectories learned on day1.
When perturbation directions were non-matched, interference
on the trajectory variables occurred both with and without vision
(FFvR
+ and FFnvR
+). We found significantly lower-than-control
IMPs for directional deviations (Fig. 7B comparisons 5–6 p,0.01)
and path curvature (Fig. 7C comparisons 7–8 p,0.01).
In sum, adaptive changes in trajectory were facilitated during
relearning of force fields with VFB when similar motor
adjustments were required, but showed interference when motor
adjustments conflicted. The fact that interference occurred both
with and without vision suggests that it reflects the learning of
opposite motor adjustments rather than mere differences in error
feedback (proprioceptive vs. visual). Endpoint accuracy and
variability remain unaffected by intervening adaptation to
visuomotor rotation.
Discussion
We report that when adapting to dynamic force perturbations,
subjects achieved similar gains in terminal accuracy but generated
different hand trajectories with and without visual feedback during
movement. With continuous VFB, hand trajectories became
straight but when visual information was limited to knowledge of
Figure 6. Effects of prior force field adaptations on matched visuomotor rotations. Group data. A–C, Time courses for the different
movement parameters during adaptations to single rotation only (control R
2) and to rotations after learning force field with visual feedback (R2 after
FFv) and without (R2 after FFnv). D, Endpoint variability ellipses of the first 40 (dotted lines) and last 40 (solid lines) rotation trials for all subjects in
each group.
doi:10.1371/journal.pone.0004214.g006
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repeated blocks of learning. The differences in curvature suggest
that proprioception may be used differently to achieve accuracy
and precision when the visual feedback is only present at
movement termination than during the entire movement.
Movement trajectories during later adaptation to visuomotor
rotations reflected subjects’ prior experience in force fields. Having
earlier made curved trajectories in force fields without VFB,
subjects kept curved trajectories even while they had to move the
hand towards a different final position relative to the one used in
force field. Intervening adaptation to visuomotor rotations
influenced trajectories but not final position when relearning force
fields the next day, consistent with differences in underlying
control mechanisms. We suggest that the consistent curvature of
trajectories learned initially with force fields represented a general
strategy or the control policy used later to achieve accurate
terminal control during rotation adaptation. Our results also
indicate that prior learning history influences the choice and
maintenance of control policy during adaptations.
Curvature of hand trajectories
Previous studies of adaptation to dynamic perturbations that
distort hand trajectories during reaching have stressed that with
practice movements become both accurate and straight [1,3–5] or
slightly curved in the direction opposite to force field [28].
Computational models have suggested that common performance
errors are utilized to minimize both endpoint variability and
deviations from rectilinearity [6,7]. Our findings do not support
this notion but are in accord with the substantial curvature found
previously during adaptation to visuomotor rotations when driven
by errors in final hand position alone [15,29]. Also consistent with
this, adaptive compensation for inertial errors without VFB has
been reported to be achieved at the cost of directional accuracy
and independent of adaptive compensation for directional biases
[4]. Thus, endpoint accuracy and trajectory shape appear to be
adjusted by different sources of error. Note however that unlike
our findings, the curvature reported by Scheidt and Ghez (2007)
was more variable and proposed to emerge from interactions
between learned trajectory and positional plans.
Since the dynamic perturbations decayed with hand velocity at
movement termination, reductions in systematic and variable
errors could have been achieved simply by increasing stiffness
during the terminal segment of the movement (as suggested in the
model of Scheidt and Ghez, 2007). Allowing initial trajectory
direction to remain incompletely corrected relative to a hypothet-
ical straight line conforms to a ‘‘minimum intervention’’ principle
[30] and would have a lower energetic cost than fully offsetting
deviations. However, adaptive regulation of an intended final
posture would not account by itself for the trajectories we
observed. First, the changes in initial directional deviations
(Fig. 4), which reflect feedforward commands rather than feedback
corrections, indicate that subjects did counteract the initial
disturbance predictively. Second, the trial-to-trial variability in
curvature was rapidly reduced even as terminal accuracy
improved and then maintained around the same value across
days. This suggests that trajectory curvature was planned and
maintained at a desired value. Our finding that subjects generated
trajectories with the same curvature when they later adapted to a
visuomotor rotation supports this. We suggest that subjects
adjusted their movement termination by rotating the learned but
curved trajectory and the state estimates necessary to achieve
accurate termination at the new location.
The transfer of a previously learned trajectory shape to a new
task seen here is analogous to that reported by [31] that subjects
continued to implement specific curvatures learned to avoid a seen
obstacle even after the obstacle is removed.
Roles of vision and proprioception in adaptive control of
trajectory and final position
We suggest that the distinctive trajectories made with and
without vision result from differences in the information conveyed
by vision and proprioception. Visual feedback indicates the
location of the hand relative to the target in extrinsic space. This
allows hand location to be estimated in the same coordinates as the
Figure 7. Effects of visuomotor rotation on force field
retention. A–C, Improvement indices (IMPs) show increments in
adaptations to force field from day1 to day2. Shown are mean IMPs of
the first 40 trials for all groups. Vertical lines are 95% confidence interval
of between-group differences in means. Numbered horizontal bars with
asterisk indicate significant differences between paired groups
(p,0.05). D, Endpoint variability ellipses of all subjects in the matched
double perturbation groups.
doi:10.1371/journal.pone.0004214.g007
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tions. By contrast, proprioception conveys information about joint
rotations and muscle lengths in intrinsic coordinates, which are
unrelated to the location of visual targets without suitable
calibration. Spatial estimates of hand position and movement
direction determined through proprioception are also less precise
than with vision [32] and drift substantially over time [33,34].
The observations of Lackner and coworkers [2] demonstrate that
the deviations from rectilinearity produced initially by Coriolis
forces in a rotating room can be detected and corrected adaptively
with proprioception alone. However, when guided by propriocep-
tion alone (i.e. in the dark) systematic endpoint deviations persisted.
These errors were reduced (but were not eliminated) when subjects
were allowed to touch a horizontal surface overlying the target.
Thus, haptic feedback provided by contact forces on the finger
could be used to correct terminal errors partially. The findings of
Lackner and coworkers differ from ours in two respects. First,
residual bias errors persisted with haptic feedback (variable errors
were not measured) but were eliminated here. The failure to correct
such errors completely seems attributable to the fact that subjects in
the rotating room were not informed of the success or failure of
successive responses. They therefore could only rely on their recall
of the appropriate feedback in adjusting successive movements, and
such recall can be assumed to degrade over time. Second, without
VFB, our subjects made curved trajectories rather than the straight
ones made by subjects in the rotating room. We hypothesize that
thisdifferencearosebecausethechangeintargetcolorinformedour
subjects of trial success at movement endpoint. This would have
allowed them to calibrate both proprioceptive and visual informa-
tion at the single location where movements were expected to
terminate, driving adjustments in inverse and forward models and
recovery of terminal accuracy in all conditions. When continuous
VFB was also available during movement, subjects could also
directly calibrate proprioceptive, and visuospatial information
associated with deviations from intended rectilinearity (see also
[35]). Without VFB, proprioceptive feedback (and haptic) feedback
could only be correlated with the intended changes in joint torques
and angles to calibrate representations in intrinsic but not extrinsic
space. Since calibration of sensory feedback does not transfer across
modalities [19], we speculate that this might serve to generate
reproducible trajectories for precise termination represented in
joint- rather than in visuospatial coordinates. This may explain why
adaptation to force fields was facilitated by matched visuomotor
rotations with VFB but not without VFB. With VFB facilitation of
learning would result in subjects’ ability to identify the source of the
early visual errors produced by the rotation to extrinsic rather than
intrinsic space. Without VFB, proprioceptive errors would only be
calibrated at the terminal location.
Differences between our findings and those of Franklin et al.
[36] also require comment. In that study, subjects recovered
accuracy and rectilinear trajectories whether movements were
made with or without VFB. Unlike here, subjects had continuous
VFB of their hand from the time movement ended near the target
until it was returned to the starting position for the next trial. This
information is critical; Only when it was denied and visual
feedback limited to movement endpoints did curved trajectories
develop during adaptation to visuomotor rotations [15] as
occurred here. We believe that otherwise subjects prioritize
straightness over terminal accuracy [29] as in the experiments of
Lackner and DiZio. The results here are, however, more difficult
to reconcile with those of [37] where subjects adapting to curl
fields recovered rectilinearity without VFB. Further experiments,
separating effects of prior experience, multiple target directions,
present in that study but not here, will be needed to determine the
origin of the discrepancy.
In sum, our results suggest that the strategies used during motor
adaptation depend on subjects’ prior experience and on the
calibration of sensory channels conveying state estimates for
different tasks. The different strategies correspond to different
control policies, through which errors on individual trials
determine specific compensatory adjustments on the next. A
possible neural basis for separate control processes for stable and
dynamically changing states, i.e. posture and movement, have
been observed in the differential load-related activity of primary
motor cortical neurons in primates [38]. Modulation of neuronal
activity in the motor cortices has also been shown during
adaptation to visuomotor rotations [25,39–41] and viscous force
fields [42–44]. The behavioral findings here suggest that motor
cortical cells may also be differentially modulated by adaptation
depending on available feedback and knowledge from prior
experience.
Supporting Information
Figure S1 Mean movement endpoints of each of the subjects in
force field without visual feedback (FFnv,left) and with (FFv,right).
Each circle is a subject’s mean final hand position across the early
(1:40) and late (181:220) trials of both days. Bar plot of the mean
endpoints across all subjects in each group during the early and
late phases of day1 and day2 training. Vertical lines are 61
standard error of the mean.
Found at: doi:10.1371/journal.pone.0004214.s001 (0.55 MB
PDF)
Acknowledgments
We thank Hagai Bergman and Yaakov Ritov for advice and helpful
discussions on earlier versions of the manuscript and Sharon Freeman for
technical support. The study is in partial fulfillment of FA’s doctoral thesis.
Author Contributions
Conceived and designed the experiments: FA CG EV. Performed the
experiments: FA IN MS. Analyzed the data: FA. Wrote the paper: FA.
Programmed of the behavioral design: YL. Contributed in the analysis and
write-up: CG. Supervised the project, experimentation, data analysis, and
write-up: EV.
References
1. Shadmehr R, Mussa-Ivaldi FA (1994) Adaptive representation of dynamics
during learning of a motor task. J Neurosci 14: 3208–3224.
2. Lackner JR, DiZio P (1994) Rapid adaptation to Coriolis force perturbations of
arm trajectory. J Neurophysiol 72: 299–313.
3. Sainburg RL, Ghez C, Kalakanis D (1999) Intersegmental dynamics are
controlled by sequential anticipatory, error correction, and postural mecha-
nisms. J Neurophysiol 81: 1045–1056.
4. Krakauer JW, Ghilardi MF, Ghez C (1999) Independent learning of internal
models for kinematic and dynamic control of reaching. Nat Neurosci 2:
1026–1031.
5. Tong C, Wolpert DM, Flanagan JR (2002) Kinematics and dynamics are not
represented independently in motor working memory: evidence from an
interference study. J Neurosci 22: 1108–1113.
6. Jordan MI (1995) Computational motor control. In: Gazzaniga MS, ed. The
cognitive neurosciences. Cambridge, MA: MIT Press. pp 597–609.
7. Todorov E, Jordan MI (1998) Smoothness maximization along a predefined
path accurately predicts the speed profiles of complex arm movements.
J Neurophysiol 80: 696–714.
8. Morasso P (1981) Spatial control of arm movements. Exp Brain Res 42:
223–227.
Different Adaptive Strategies
PLoS ONE | www.plosone.org 11 January 2009 | Volume 4 | Issue 1 | e42149. Abend W, Bizzi E, Morasso P (1982) Human arm trajectory formation. Brain
105: 331–348.
10. Flash T, Hogan N (1985) The coordination of arm movements: an
experimentally confirmed mathematical model. J Neurosci 5: 1688–1703.
11. Harris CM, Wolpert DM (1998) Signal-dependent noise determines motor
planning. Nature 394: 780–784.
12. Izawa J, Rane T, Donchin O, Shadmehr R (2008) Motor adaptation as a process
of reoptimization. J Neurosci 28: 2883–2891.
13. Chib VS, Patton JL, Lynch KM, Mussa-Ivaldi FA (2006) Haptic identification of
surfaces as fields of force. J Neurophysiol 95: 1068–1077.
14. Flanagan JR, Rao AK (1995) Trajectory adaptation to a nonlinear visuomotor
transformation: evidence of motion planning in visually perceived space.
J Neurophysiol 74: 2174–2178.
15. Scheidt RA, Ghez C (2007) Separate adaptive mechanisms for controlling
trajectory and final position in reaching. J Neurophysiol.
16. Ernst MO, Banks MS (2002) Humans integrate visual and haptic information in
a statistically optimal fashion. Nature 415: 429–433.
17. van Beers RJ, Baraduc P, Wolpert DM (2002) Role of uncertainty in
sensorimotor control. Philos Trans R Soc Lond B Biol Sci 357: 1137–1145.
18. Osborne LC, Lisberger SG, Bialek W (2005) A sensory source for motor
variation. Nature 437: 412–416.
19. Smeets JB, van den Dobbelsteen JJ, de Grave DD, van Beers RJ, Brenner E
(2006) Sensory integration does not lead to sensory calibration. Proc Natl Acad
Sci U S A 103: 18781–18786.
20. Prablanc C, Martin O (1992) Automatic control during hand reaching at
undetected two-dimensional target displacements. J Neurophysiol 67: 455–469.
21. Paillard J (1996) Fast and slow feedback loops for the visual correction of spatial
errors in a pointing task: a reappraisal. Can J Physiol Pharmacol 74: 401–417.
22. Meyer DE, Smith JEK, Kornblum S, Abrans RA, Wright CE (1990) Speed-
accuracy tradeoffs in aimed movements: Toward a theory of rapid voluntary
action. In: Jeannerod M, ed. Attention and Performance XIII. Hillsdale, NJ:
Lawrence Earlbaum Associates, Inc. pp 173–226.
23. Gandolfo F, Mussa-Ivaldi FA, Bizzi E (1996) Motor learning by field
approximation. Proc Natl Acad Sci U S A 93: 3843–3846.
24. Pine ZM, Krakauer JW, Gordon J, Ghez C (1996) Learning of scaling factors
and reference axes for reaching movements. Neuroreport 7: 2357–2361.
25. Paz R, Boraud T, Natan C, Bergman H, Vaadia E (2003) Preparatory activity in
motor cortex reflects learning of local visuomotor skills. Nat Neurosci 6:
882–890.
26. Robertson EM, Pascual-Leone A, Miall RC (2004) Current concepts in
procedural consolidation. Nat Rev Neurosci 5: 576–582.
27. Krakauer JW, Ghez C, Ghilardi MF (2005) Adaptation to visuomotor
transformations: consolidation, interference, and forgetting. J Neurosci 25:
473–478.
28. Thoroughman KA, Shadmehr R (2000) Learning of action through adaptive
combination of motor primitives. Nature 407: 742–747.
29. Ghez C, Scheidt RA, Heijink H (2007) Different learned coordinate frames for
planning trajectories and final positions in reaching. J Neurophysiol.
30. Todorov E (2004) Optimality principles in sensorimotor control. Nat Neurosci 7:
907–915.
31. Jax SA, Rosenbaum DA (2007) Hand path priming in manual obstacle
avoidance: evidence that the dorsal stream does not only control visually guided
actions in real time. J Exp Psychol Hum Percept Perform 33: 425–441.
32. van-Beers RJ, Sittig AC, Denier-van dG-J (1998) The precision of proprioceptive
position sense. Exp Brain Res 122: 367–377.
33. Wann JP, Ibrahim SF (1992) Does limb proprioception drift? Exp Brain Res 91:
162–166.
34. Sainburg RL, Ghilardi MF, Poizner H, Ghez C (1995) Control of limb dynamics
in normal subjects and patients without proprioception. J Neurophysiol 73:
820–835.
35. Liu X, Scheidt RA (2008) Contributions of online visual feedback to the learning
and generalization of novel finger coordination patterns. J Neurophysiol 99:
2546–2557.
36. Franklin DW, So U, Burdet E, Kawato M (2007) Visual feedback is not
necessary for the learning of novel dynamics. PLoS ONE 2: e1336.
37. Scheidt RA, Conditt MA, Secco EL, Mussa-Ivaldi FA (2005) Interaction of
visual and proprioceptive feedback during adaptation of human reaching
movements. J Neurophysiol 93: 3200–3213.
38. Kurtzer I, Herter TM, Scott SH (2005) Random change in cortical load
representation suggests distinct control of posture and movement. Nat Neurosci
8: 498–504.
39. Shen L, Alexander GE (1997) Neural correlates of a spatial sensory-to-motor
transformation in primary motor cortex. J Neurophysiol 77: 1171–1194.
40. Wise SP, Moody SL, Blomstrom KJ, Mitz AR (1998) Changes in motor cortical
activity during visuomotor adaptation. Exp Brain Res 121: 285–299.
41. Paz R, Natan C, Boraud T, Bergman H, Vaadia E (2005) Emerging Patterns of
Neuronal Responses in Supplementary and Primary Motor Areas during
Sensorimotor Adaptation. J Neurosci 25: 10941–10951.
42. Gandolfo F, Li C, Benda BJ, Schioppa CP, Bizzi E (2000) Cortical correlates of
learning in monkeys adapting to a new dynamical environment. Proc Natl Acad
Sci U S A 97: 2259–2263.
43. Li CS, Padoa-Schioppa C, Bizzi E (2001) Neuronal correlates of motor
performance and motor learning in the primary motor cortex of monkeys
adapting to an external force field. Neuron 30: 593–607.
44. Padoa-Schioppa C, Li CS-R, Bizzi E (2002) Neuronal Correlates of Kinematics-
to-Dynamics Transformation in the Supplementary Motor Area. Neuron 36:
751–765.
Different Adaptive Strategies
PLoS ONE | www.plosone.org 12 January 2009 | Volume 4 | Issue 1 | e4214